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MOJIEKYJISAPHBIA MEXAHU3M YCTOMYUBOCTU K MEHAJUOHY
Y HUAHOBAKTEPUU SYNECHOCYSTIS SP. PCC 6803"

M.E. Cemuna!, E.JI. A6pamenko!, E.M. Myponen',
JO.B. Turaesa!, K.H. Tumodees?, U.B. Enanckas!

(‘kapedpa cenemuru, *rapedpa 6uousuxu buonoeuteckozo gaxysvmema MIY)

TunakounHeie MeMOpaHb! UHMaHODAKTEpHI copep-
XAaT KaK (POTOCHMHTETMYECKYID, TaK W ObIXaTeJbHYIO
3JIEKTPOH-TpaHCNopTHbIe lenu (DTLL), npuuyem mem6O-
paHHbI nya1 nnacroxMHoHa (PQ) M kommnekc um-
TOXpoMOB bgf (cyt bgf) siBasiloTCS OOUIMMM KOMITO-
HEHTAMM JJISl CHUCTEM JALIXaTeJdbHOro W (hOTOCHHTE-
THUYECKOTO TnepeHoca 3ekTpoHos (Vermaas, 1996).
MOIWHBIM MHCTPYMEHTOM NPU U3YYEHUM MEXaHU3MOB
¢yHkunoHuposaduss DTH y ¢oTtorpodHBIX OpraHmns-
MOB SIBASIETCSI MCIOJL30BAHUE HWHIUOUTOPOB 3JIEKT-
poHHOro TpaHcrnopra. MHrMOUTOpEI XMHOHHOIO TUIIA,
Takue Kak MCHaAMOH, MNMAMOarvuH, AMOpPOMOTUMOXH-
HOH, NYPOXMHOH, B3auMogmeicTByioT ¢ DTLl umanHo-
OakTepuil Ha ypoBHe ryna PQ u xommnekca cyt bgf
M MOTYT BJIUSITb HA TPAHCHOPT 3IEKTPOHOB Kak B ¢0-
TOCUHTETMYECKOM, TaK M B AbIXateJbHOi wenu. HMH-
rubupyioulee AeHCTBHE XHHOHOB OOYCIIOBJEHO TIJaB-
HbIM 00pa3oM WX OOHO3NEKTPOHHBIM BOCCTAHOBJIE-
HMEM OO0 CEMHUXMHOH4, KOTOpBLIA B CBOW Ouvepellb
MOXET B3aMMOJECHCTBOBATb C MOJIEKYASIPHBIM KHUCIOPO-
I0M c 0oOpa3oBaHUEM CYNEPOKCHAA, WUHIYLUMPYIOUIETO
okucautenbHbiit crpecc (Hassan, Fridovich, 1979).
[Ipu BOCCTAHOBJIEHMH XMHOHOB TIO ABYX3JIEKTPOHHOMY
MEeXaHU3My obpa3sycTcs TMAPOXMHOH, KOTOpbIH B3au-
MOJEHCTBYET C IIIOKYPOHOBOH KUCNOTOM ¢ o6pa3oBa-
HMEM HETOKCHYHBIX KoHbloratoB (Lind et al., 1982).
B knerkax uuaHoOakTepHit MeHaAKWOH MOXET BOC-
CTaHaBnMBaTbesl Aeruaporerazamyu NDH-1 v NDH-2,
a Takxe cykuuHataeruaporeHasoi (SDH), xotopbie
BOBJICYEHbI B TPAHCIMOPT 3JIEKTPOHOB B THIAKOMOHOM
membOpane (Howitt et al., 1999; Cooley, Vermaas,
2001). Menanuon (MEHAIHMOH, BOCCTAHOBJEHHBIH HO
FUAPOXMHOHA) B3aMMOAEUCTBYET C MYJIOM NJIACTOXMHO-
Ha W BOBJIEKAETCSI B LUMKIWYECKUI TPAHCMOPT BJIEKT-
poHoB ¢ y4actHem c¢ortocucremsl | (PS ) (Hauska
et al., 1974).

B knerkax wmiaekonuratwoiinx 3¢dekTUBHaA 3a-
LIUTa OT TOKCHYHOTO OEUCTBUS IK3OTEHHbIX XMHOHOB
OCYUIECTBISIETCS ¢ yYacTUeM biriaBUHCOAEpXallero ep-
meHTa NAD(P)H: xuHoH-okcupopenykrtasbl (T-nua-
dopa3snl), KOTopasi BOCCTAHABAWBACT XUHOHBI MO ABYX-

3JIEKTPOHHOMY MEXaHU3MYy, TPENSTCTBYSI WX B3aMMO-
NEWCTBUIO C ApYruMu depMeHTaMu, MPUBOISILIEMY K
obpaszoBaHuio ceMuxuHoHa (Prochaska et al., 1985).
MyTaHTbl MbILIEH C MHAKTHBUPOBAHHBIM TEHOM, KO-
avpyounm [ T-1uacdopasy, ype3BblUaHO UYBCTBUTENb-
Hbl K MHBEKUMSM MEHaJAMOHA MO CPABHEHHIO C OCO-
o6ssmu pukoro tMna (Radjendirane et al., 1998).

B knetkax uvanobakTepuu Synechocystis sp. WTaMM
PCC 6803 (manee — Synechocystis 6803) obHapyxe-
Ha pacrsopumass NAD(P)H: xuHOH-oKcHmopenyKTa3a
(NQR), xomupyemas reHom drgA (YecHaBudueHe ¥ Ip.,
1994; Elanskaya et al., 1998), koTtopas WCnonb3yer
NADPH u NADH B xauecTBe JOHOPOB 3JIEKTPO-
HOB, a Hau0oJiee NPENNOYTUTEALHBIM aAKUENTOPOM JUTS
2TOro ¢epMeHTa sBAJIOTCS TIPOM3BOAHBIE XWHOHOB
(Matsuo et al., 1998). ITogobHo AT-nuacdopasze mie-
xonutaowmx, NQR Synechocystis 6803 ocyiuecTBis-
eT OMOaKTHBALIMI0O HUTPOAPOMATHYECKUX COENMHEHHMMH
(Elanskaya et al., 1998), a MyTaHTBl 1O TeHY drgA
OTJINYAIOTCH MOBBLIILIEHHOM YYBCTBUTEJIBHOCTHIO K WH-
rubUTOpaM XHHOHHOTO THITA — MEHANWoHYy M IUTyMOa-
runy (Enanckast v ap., 2004a).

JanHag paborta mocssieHa usydyerumo ponv NQR,
KOIMDPYEMOI TeHOM drgA, a Takxke HOEerdiIporeHas’
NDH-1, NDH-2 u SDH B ycTOWYMBOCTH KJI€TOK
Synechocystis 6803 K MeHaauOHY.

Metoan MCCAEAOBAHHA

B paGore MCrnoap3oBanM IUTAMM OMKOFO THAA Sy-
nechocystis sp. PCC 6803 u MyTaHT, HecyllMil MHCEp-
LIMIO TeHa KaHAMUUMHPE3UCTEHTHOCTH B BamH I-caiite
reHa drgdA (YecHaBuuene u ap., 1994), u3 ko/uieKUuuu
Kadenpsl reHeTukd MIY. MHCEpUMOHHEBIA MYTaHT IO
reny, koaupytouieMy NdhB-cybbenuMHuuy Komruiekca
NDH-I1, nonyyexn ot npod. T. Orassl (Ogawa, 1991).
MyTaHTbl, JHLIeHHbIE QYHKIIMOHATIBHO aKTHBHBIX Ie-
ruaporeHas NDH-2 (Howitt et al., 1999) u SDH (Co-
oley et al.,, 2000), a Takxe myranT OX, JMILIEHHBIA
XuHON- U uuToxpoMokcunas (Howitt, Vermaas, 1998)
nonyueHsl ot npod. B. BepMaaca. bakrepuosnornyecku
YUCThIE KYALTYPbl [UABOOAKTepUil BbIpALMBAIW 0OpU

* Mpuusitoie cokpatieHus. duHoced — 2-cex-6ytun-4,6-gunurpodeHon; MeHanmod — 2-mMeTun-1,4-HapTOXMHOH; IUTIOMGarud — S-rua-

poKcH-2-MeTua- |, 4-HacbToxuHoH; IDTLL — a3nexTpoH-TpaHcnopTHast uenb; cyt bgf — uturoxpom bgf; DCMU — 3-(3,4-auxnopode-
Hun)-1, l-aumetunmouesura; FNR — deppenokcun:NADPY-okcupopeaykraza; MTT — 3-[4,5-aumeTunturason-2-unl-2,5-nMbeHui-TeTpaso-
anitbpomun; NDH-1 — NAD(P)H-peruaporenasa (komnnekc 1); NDH-2 — NADH-aeruaporenasa; NQR — NAD(P)H:xuHoH-oxcHaope-

aykraza;, PS — dorocucrema; PQ — njaacToxMHOH.

5 BMY, 6uonorust, Ne |
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30° npu nocrosinHoM ocpeiiedun 40 MxE-m2- ¢!
B XUaKoK muHepanbHo#i cpene BG-11 (Rippka et al.,
1979). KynbTypbl MYTaHTOB BBIpALLKWBAIH B MPUCYTCT-
BUM COOTBETCTBYIOLUMX AHTMOMOTMKOB. TpaHchopma-
UMI0 iMaHobakTepuit nposoauar no Meroay (Grigori-
eva, Schestakov, 1982).

Meroabl aHanusza MTT-peayKTa3sHO# aKTUBHOCTU U
BITP-cnekTpockonuu onucanbl paHee (EnaHckast v ap.,
20046). Dkcrpeccuo reHa drgA W3ydanu MeToaoM 06-
pPaTHOW TPAHCKPUNMLUHMMU B COYETAHUU C NMOJUMEPAZHOMU
uenHoil peakumeid (OT-T1LLP) (Enanckas u ap., 2002).
B peakuuy oGpaTHOM TpPaHCKPHUIIUMH MCHOJIbL3OBAIN
npaiiMep drgA-Rev: 5-ATGGGACAGCTATCATAG.
Has TTLUP ucnonb3oBaniyi TOT XKe mpaiiMep B coueTa-
HuU ¢ drgd-Fw: 5 -GAAGAAAGAAAGTTGCTC.

PesyabraThl M HX 00CYyxKIeHHE

CpaBHEHHE YCTOMYMBOCTM K MEHAIMOHY KJIETOK
JIMKOro TWIla ¥ MYTAHTOB LMaHOOAKTEpHUM C Hapylle-
HUEM OTIEJbHbIX KOMITIOHEHTOB 3JIEKTPOH-TPAHCNOPT-
HO#t uenu (TabGnuua) nokasano, YTO MYTAHT, JMILEH-
Hbld Kommekca NDH-1, a Takxe MyTaHT Mo reHy
drgA, nuwennsli NQR, ormnnyaooTcs noBblUEHHON
YYBCTBUTEIBHOCTBIO K MEHANAMOHY. MyTaHTbl ¢ Hapy-
wieHueM gaeruaporeHasst NDH-2, cykuu-
HaTOCrMApOreHasbl, a TakKXKe MYTaHT, JIU-

IIEHHBIA XMHONA- U uutoxpoMokcunas (Ox),
MO YCTOMYMBOCTM K MEH3JMOHY OYE€Hb
cnabo OTIMYAIMCH OT KJIETOK AUKOTO THIIA.

YCTORYBBOCTD KJIETOK AMKOI0 THRA
H MYTaHTOB K MEHAJHOHY HAa TBEpPAOH cpele
B (OTOABTOTPOPHBIX YCIOBHAX

HEOOXONMMO JUISl TIOAAEPKAHUS POCTA KJIETOK HMAHO-
pakTepuy B (HoToaBTOTPOGHLIX YCaoBusxX. [BoiiHblc
mytantel NDH-1/NQR, NDH-2/NQR u Ox/NQR
OTJIMYAINCH BBICOKOM UYBCTBHUTEJIBHOCTBIO K MEHaIHO-
Hy (Tabnuua).

C nomotsio IITP-crnexTpockonuu ObUIO U3Yue-
HO BJMSIHME MeHaaMOHa M MeHanuona (MeHaluoHa,
BOCCTAHOBJIEHHOIO [UTMOHUTOM) Ha KWHETHKY BOC-
CTAHOBAEHUS peakuuoHHoro uentpa PS 1 (P700™)
nocnae €ro (POTOOKMCNEeHMUs1 OesibiIM CBETOM B TpH-
cyrcteur DCMU B kijerkax AMKOTO THIIA W My-
tantoB no NDH-1 u NQR. Tlpu pobasncaun me-
HaJ(MOHA CKOPOCTb TIOCAECBETOBOTO BOCCTAHOBIICHMS
P700T B kJerkax AMKOTO THNA M MyTaHTa 10
NDH-1 Bo3pacrana, torma kak y myraHta no NQR
BoccTaHoBieHMe P700% cunbno samemsiiocs. B nipu-
CYTCTBUM MeHamvosa BoccTanobienne P700% yckopsi-
JIOCh Kak B KJeTKaXx AWKOro TUMa, TaK U Yy My-
tantoB no NDH-1 u NQR (puc. 1). TlosyueHHsble
JaHHbIE TNO3BOJISIIOT TPEANnoJoXuTh, yTo NQR 3a-
IWMIKAET KJAETKUM [HAHODAKTEPUU OT TOKCHUUYECKOTO
JIEACTBUSI IK30TEHHBIX XWHOHOB, BOCCTAHABAMBASI MX
IO TWIPOXMHOHOB, Toraga Kak B orcyrcreue NDH-I
TOKCHMYECKUN 3PPEeKT MeHaauoHa MOXET ObiTh CBSI-
3aH € HapylIEHWEM ABbIXaTeIbHOTO W LMKINYECKOTO

Bukun NQR NDH-1
TN
MM
b
0,22 0,34 >0,5 a

o
=
©
HUHrubupyromas KoH- ;
LtamM HEHTPALMA MEHAIMOHA © 6
(MKr/MN) g 0,051 >0,6 0,151
JivKuit TMI 4 E
NQR 1,5 g
NDH-1 1,5 q
SDH 3,5 h e
NDH-2 3,5 0,03 0,017 0,04
Ox 3,5
NDH-1/NQR 1,5
NDH-2/NQR 1,5
Ox/NQR 1,5 BKHI l BbIKN BKJ‘II l BbIKA BKI'II l BbiKN
Ceetr Ceer CeeTt
C LI€JIbKD BBEACHWSA lIOHOJ]HPlTCJIBHOﬁ
MyTauud 1o drgd KIeTKH MYTaHTOB IO —
NDH-1, NDH-2, SDH u Ox TpaHcdop- 01 c

MUPOBalN PEKOMOWHAHTHLIMM TLIa3MUAAMU,
HECYyIIMMH MYTaAHTHBIA reH drgd. B pe-
3ynpraTe TpaHcopMauuu ObUIM OTOGpa-
Hbl TIOJIHOCTBIO CETPErHPOBAHHbBIE MYTAHTHI:
NDH-1/NQR, NDH-2/NQR u Ox/NQR.
TToNnyuuTh NONHOCTBLIO CErPervpoOBaHHbIN My-
tant SDH/NQR He ynanocsk, T.e. NpHCYT-
CTBME XOTA OBl OOHOrO U3 3THX OENKOB

Puc. 1. Peakunu oxucneHus-soccraHosnenuss P700, 3apeructpupoBaHHble MeTO-
goM BITP-criekTpockonuu B (poTOABTOTPODHO BHIpALIEHHBIX KIETKaX AWKOro THMNa
u MytaHToB no NQR » NDH-1 B npucyrcteuu 20 vxkM DCMU:

a — KoHuTponb; 6 — B npucytctuu 20 MM Menaunona, ¢ — B npucyrersmit 20 MxM Me-
Hagyona. DITP curHan reHepuposaln MMNyabcHbIM ocBeweHueM (0,1 ¢) cycnenamn kieTok
Benbim csetoM (2000 MxE m~2c™!). Ycnosus DFIP: mownocts CBY 20 MBT, amniuTyna mo-
aynsunn 0,3 MT, yactota Moayisumn 100 kI, nocrosiHHast BpeMeHW 10 Mkc. CTpesIKH yka-
3bIBAIOT MOMEHTH! BKJHOMEHHSt (BKJL) M BBIKJIIOUEHUS (BBIKN) cBeTa. Llndpbi Noa KpUBBIMU CO-
OTBETCTBYIOT BPCMEHM TONYBOCCTAHORICHMs cHrHana oT P700% (15, ¢)
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9KCIpeccUM drgA CyLIECTBEHHO BO3DPACTaeT B
MpUCyYTCTBUU 5 MM Tmoko3bl Kak Ha cBety (2),
TaK ¥ Npu UHKYOaLWW KICTOK B TEMHOTE B TIpU-
CYTCTBUH TIOKO3bl (4). DTU laHHbIE YKa3blBAIOT
Ha BO3MOXHYIO CBSi3b MCXIY YPOBHEM 3KCripec-
cau drgA w conepxanmem NADPH B knerkax
LHaHOOAKTePUM U XOPOLUO COIJIACYIOTCST C MOJy-
UeHHBLIMW paHee SaHHbLIMKM 00 yyacTHyl MpOAyKTa
drgAd B okucnenun NADPH (Enanckast u gp.,
20046). Nukybaiysi KICTOK Ha CBETY B MPUCYT-
CTBMM MEHAJMOHa MK HUTPODEHOSNBHOTO rep-
bulnmza AnHoceba He BbI3bIBAMIA MHAYKUMH 3KC-
npeccun drgd (5, 6).

0 30 60 90 120
Bpemsa nHkySaumn n MTT, muH

Puc. 2. Boccranosnnerine MTT Ha cBety (GoToaBTOTPOGHO BhIPALIEHHBIMA
KJACTKAMU aukoro tuna (/) u myrantos no NQR (2) v NDH-1 (3)

TpaHcrnopTa 3/eKTpoHoB uepe3d PS I (Mi et al., 1992;
1995).

ITockonbky NDH-1 u NQR yyacTByioT B OKHC-
neunu NADPH, Obin mpoBeeH cpaBHUTENbHBIN aHa-
JIU3 AETWIPOTeHA3HOM aKTUBHOCTM B KJIETKAX AUKOTO
turna U MytantoB o NDH-1 u NQR. O ngeruapore-
Ha3HOU aKTUBHOCTU KJIETOK WM M30JAMPOBAHHBIX MH-
TOXOHAPHIA MOXHO CYAMTbH 1O MX CIOCOOHOCTHM BOC-
CTaHaB/MBaTL COJNIM TeTpa3onus (narnpumep, MTT) go
¢opmazarHa (Riley, Workman, 1992). B ¢dotoapro-
TPOMHBIX YCIOBHSX POCTA CKOPOCTH BOCCTAHOBICHHS
MTT B kJeTkax JOMKOro Tumna Oblia CYLUECTBEHHO
BbilllE, YEM B KJIeTKax MyTaHTa no NQR, Torma xak y
MytaHta no NDH-1 MTT-peaykrazHass akTUBHOCTh
NpakTHYECKK oTcyTcTBOBala (puc. 2). TakuM obpa3om,
BoccraHoBnenve MTT po ¢opmasaHa B ¢HOTOaBTO-
Tpo(hHO BBbIpawieHHLIX KieTKax Synechocystis 6803 ocy-
wecrensgercsi ¢ yyactuem kKomrutekca NDH-1. Kpowme
TOrO, 3HAYUTENbHAs NOAsi CyMMapHOW AerMAporeHas-
HOW AKTUBHOCTM B (PpoTOaBTOTPODHO BBIPALUECHHBIX
knetkax Synechocystis 6803 ceazaHa ¢ ¢yHkuueit NQR,
KoTopas, No-BUAMMOMY, (DYHKLHMOHUPYET B KOMNJEK-
ce {unn xoopauHupopaHHo) ¢ NDH-1. TTonyyeHHble
pe3ynbraTbl CBUIAETEALCTBYIOT O TOM, 4TO B (hOTOaB-
TOTPOGHBLIX YCAOBUSIX KJACTKM MyTaHToB no NDH-1
1 NQR xapakTepu3yioTcsi CHUXKEHHOM CIIOCODHOCTBLIO
K okucnenuio NADPH.

Ha pwuc. 3 npuseaens! pe3ynbTaTbl aHajiu3a IKC-
TpeccuM reHa drgA B KJIeTKax [AMKOro THUIIA, Bbi-
POCIUMX B PA3NUUHbLIX ycnosusax. ['eH drgd skcnpeccu-
pyercsi B (DOTO4ABTOTPO(HLIX YCHoBMsAX pocra (1) u
MPAKTUYECKH HE 3KCIIPECCHpYETCs B KIIETKax, UHKY-
GUpoBaHHbIX B TEMHOTe B TeueHue 6 4 (3). YpoBeHb
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Tokcuueckoe neucTsue MeHaaMoHa OObIY-
HO CBA3LIBAIOT C OKUCIAUTEABHBIM CTPECCOM, KO-
TOPLI BO3HUKACT B pe3yAbTaTe 0O0pasoBaHUS
CyNepoKcHAa B XOA€ LUMKIUWYECKHUX PEaKUWNi Ol-
HO3JIEKTPOHHOIO OKHCJICHMS-BOCCTAHOBICHUSI XH-
HoHOB (Thor et al., 1982). TlonyueHHbie pe-
3yJbTAThl CBUAETEJLCTBYIOT O TOM, YTO YCTOMYMBOCTH
K MeHaauoHy ¢otoaBToTpohHO pacTylliuX KAeToK Sy-
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Puc. 3. OTHocHTENnbHbIE YPOBHM 3KCMpeccuy reHa drgA B pasHbIX

ycnoBuax pocta no pesyapraraMm OT—ITLP. Cymmapuas PHK

BblaeseHa U3 (oToaBTOTpodHO BHIpAlEeHHbIX KIETOK (/) U KJIETOK,

MHKYOMpPOBAHHBIX B TeueHue 6 4 Ha cseTy ¢ 10 MM riokossl (2),

B TeMHOTe Ge3 rokosnt (3), B TeMHoTe ¢ 10 MM raoko3ut (4),

Ha cBeTy ¢ 5 MxM mewamMoHa (5) ¥ Ha cBeTy ¢ 5 MKM AuHO-
ceba (6)

Oxcnpeccun, ycn. ea.

nechocystis 6803 cBsizaHa co criocobHocThI0 NQR adh-
¢heKTHBHO BOCCTAHABAMBATL 3IK3OTEHHbIE XWHOHBI IO
IMIPOXMHOHOB, a Takxe ¢ (PyHKUMEN AeruaporeHas-
Horo KoMruiekca NDH-1, koTopbiit yyacTByeT B LUK-
JIMYeCKOM (OTOCUHTETHUECKOM TPAHCMOPTE 3AEKTPO-
HoB yepes OC 1.

[ I
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BaHuil (nmpoexkr 06—04—48658-a).

XWHOH-OKCHIOPEAYKTa3bl, KOAWPYeMOH reHom drgA, B BOC-
CTAHOBJICHHWH IK3OIEHHBIX XMHOHOB B KJIETKax LHaHOGaKTe-
puu Synechocystis sp. PCC 6803 // Buoxumus. 69. 172—178.
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MOLECULAR MECHANISM OF MENADIONE RESISTANCE
IN THE CYANOBACTERIUM SYNECHOCYSTIS SP. PCC 6803

M.E. Semina, E.D. Abramenko, E.M. Muronetz,

Yu.V. Titaeva, K.N. Timofeev, L V. Elanskaya

The effect of mutations in genes encoding dehydrogenases and oxidases on the resistance of
the cyanobacterium Synechocystis sp. PCC 6803 to oxidative stress inducer menadione was studied.
Enhanced sensitivity to menadione was observed in the mutants carrying insertions in drgA gene
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encoding NAD(P)H: quinone-oxidoreductase (NQR) and in ndhB gene encoding the subunit of
NDH-1 complex. Menadione resistance in the mutants lacking oxidases (Ox), succinate-dehydro-
genase (SDH), and NDH-2 dehydrogenase was the same as in wild type cells. The additional
mutation in drgA gene increased sensitivity to menadione in NDH-2 and Ox mutants. Double
mutant lacking both of SDH and NQR was not viable. Expression of drgd gene decreased during
cell incubation in the dark but increased in the presence of glucose both in the dark and in
the light. Under photoautotrophic growth conditions dehydrogenase activity of the cells depends
mainly of the NQR and NDH-I functions. The rate of photosystem [ reaction center (P700%)
re-reduction after its oxidation with white light in the presence of DCMU increased in wild type
and NDH-1 mutant after addition of menadione, whereas it decreased in NQR mutant. In the
presence of menadiol the reduction of P700% was accelerated in all strains studied. These data
allow suggesting that NQR provides the defense of cyanobacterial cells from the toxic cffect of
menadione by its 2-electron reduction to menadiol. Increased sensitivity to menadione of NDH-1
mutant may results from the inhibition of respiration and cyclic electron transport around photo-
system L.
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